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Abstract

Among the most critical processes in simulating terrestrial ecosystem performance is the regulatory role of sto-
mata in carbon and water cycles. Compared with field measurements, the changes in stomatal slope caused by the
biophysical environment provide a simple but effective synthetic framework for studying climate-related carbon
and water cycling, due to its sensitivity to CO,, vapor pressure deficit, and photosynthesis. It is also crucial in un-
derstanding the effects of climate change on photosynthesis and water use efficiency. Endeavored by numerous
scholastic efforts, stomatal conductance models have been improved based on experimental, semi-experimental,
and mechanical processes. However, the underlying biological mechanisms and the dynamics of key parameters in
these models remain unexplored, especially regarding the changes in stomatal slope. By improving the under-
standing of the stomata’s regulatory role, we reduced the uncertainty of stomatal conductance simulation. We then
synthesized the recent developments and lessons in optimal stomatal behavior theory to simulate stomatal con-
ductance and included an introduction to widely used stomatal conductance models and parameters, the main fac-
tors influencing stomatal slopes, and applications of the mechanical stomatal conductance models in different
ecosystems. Based on our literature review, we proposed that future research is needed on the optimal stomatal
behavior theory and its applications in simulating stomatal conductance.

Key words stomatal slope; carbon water coupling; optimal stomatal behavior theory; stomatal conductance
models; marginal water use efficiency
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BRSOt A 2 R G- /K AE L AR A AN AT Bl g 3
¥ (Hetherington & Woodward, 2003). 4771t 175
AL FERP . IO GE RIS E R R R
FLAE19274F, Scarthali st W ik i [ 2 A7k 43 251 Hh
USRI R RIS, 26 WA S A —
ANIERE, ) U AR K 7 M A Rng b, ok
AR EIEARIL T ASLIPER” . s S LAT N
VARV IR, A BT S - =R R B 7K
AL 4o PR ) AR B A R AN K 43I FH S o itk A
LR T Y BAR SAUAT A BRI AL 3 B
FIUIRFIGESE, FREH XY S AT A BRI
LRI 1A 5 BT 5T 77 1A A E A

1 SASERUBMRIR

REMEAETT, IR R TS FLH
Z1(Edwards et al., 1992) . X A~ [F] 45 1 o7 2 S LA
VDAL AR 11 (Beerling, 2007). 24 <AL P40
MK TR, WOKREZRK, SALITH, ALK,
COMIKIARE Fyidk AL, MI, AOR D4HRK A
BT, RoKiE, AL, SALFEERVD, CO
IKVERR B AL, TR PR RS Rk, AL
S, CORFKIRBIIEIH N . KFLALT L FpEk
BIAE A B R (WG RE R AR AN
KEHE TR, SRR KRCOHKE. FPHIGHERK,
K F LA S ) N IR R AR AL) SR R (Davies et
al., 2002; Mott, 2009). {EIXEE[R K, SFLKTF 11
SRR IR R o K A 2E K
BEVR (AL LA R A 78 R LSS RIS e 40 7™ L R
M), JEHXTARAEY = B EK . 7E AR
SR, TRRA MRS TR DA T RE7E 75 0 X I0AT
WK, TEARFE 1) DX I3 U AFAE 7K 3 Ak L e =2
TR T R3GK 2 AR ZU R J& (IPCC, 2013). B AR
UK Gk Z 26 F R ASELIAT 9, KB TE BN R0R
IR ARV RE R 2R G0 RN I R R E B AR A
P LA BB R

PABRAR B ARG A AR FH AT LUK 7 FE R AR
R WEIE R T Y D R B 1 LA, HERf 1Y
B S E R IR RS RGUEAL .,
B, HhER RGURAL RS G AU . K RIRE S5
IR 5 (Wang et al., 2013b, 2015, 2016). HT
PAFarquhar4(1980) (11t A1 FAR AL AR (A B
BA T2 N, B IS AR A PRI R B S 4 (i
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A BRI Voma)» COISE L TRLEFDEI)
P&, W] DU O A A A (Wullschleger,
1993; Kattge et al., 2009). HFHX+T YA 1EF FINLHAL
R, ZENEAE R IE W AR A IR B 1 2 I B A AR
H SRR . T 22400 B, SAL T BRI
W TAERETFE . MRV, WAL RBA DA
IR ()T, K2 Ed[ILSES 24
PRI & 03 S (Lange et al., 1971) 7Ki5 & 5 ik
(VPD)(Monteith, 1995). I} (Jarvis, 1976; Jones,
1992) 1 R4 (Uddling et al., 2009)2& )45 1% 2 AT
A, (2 FAIaA . JE T B R, (|
RARMAE IR 255, e TSR ERDGEAE
F(Ball et al., 1987; Leuning, 1990, 1995; Misson et
al., 2004b). Mi74FR(ABA) (Tardieu & Davies, 1993;
Guteschick & Simonneau, 2002). 7K4r4%F(Sperry et
al., 1998; Oren et al., 1999; Tuzet et al., 2003)F1[Z %
7 (Dewar, 2002; Buckley et al., 2003)25 f#) 5 £ AT
A, HSHABG YR, QIS H
THEYA R, KSEAE SR,
I F A AT LU AR & MRS 268 TR 13 ) (Dewar,
2002; Medlyn et al., 2011; Prentice et al., 2014). R%
Wik C AR AL FENAR 5 A REA, &
SO B R R AL BEAT LA Y R T

ZRUN BT I8 A2 T AR BRI AR L
FEZ AR R, MEE D KBS, HH7FHEXT
RS HOHEAT K E I, X LHRIR S TR
ZIBRMN . JarvistER (7R 2L R EEL R
R, & H fdarvis (1976)3¢H, EREd T2 %4
AL AL Bt (Stewart, 1988; White et al., 1999; Mac-
farlane et al., 2004; Misson et al., 2004a; Noe &
Giersch, 2004) .

9s = Gsmax f (Q) T (T)) F (VPD) f (o) @

Jarvistii A j — 2 Ju AR A A, H PR
KIS S HUE 5 B P85 R 1] PR A 3fe
BRI Q) f(T)~ F(VPD). f (wpa) 2 AR TR
B, REMNE . ARV SRE AT EE . Jarvis
AT N RIE, 25— B S T AR,
N Z G 5 S ALBE SN R IR S AR LR A3 T 5%
i o AR R AR At BT B, RSB SRS
WAV B X (ZEKTFEE, 2011), X4 WL PE R B
FORE R AR I T M, BEE S H 3G 2, A
()52 R R R BG I, X 2B AY Y R 3 0 1 TR
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B B X - % PR N ST AE R S AL R AR
b, 20 %R B H N EVE F (A= LA, 2005),
X ™ PR T Jarvis PR S BRN . BED
I, Jarvisth A E 2 AEAR K — BN (] B S AL AL
PR FCRR A 1 71, B R e

Ball%5(1987)& th | —/MF Al A, eHT- L
TR AR RIL TS E T SR FE IR AR
K, M5 COME M AH G . %S FLIE B P RR A
Ball-Berryfi 4 5l & BWB AL (77 7£2)  Leuning (1990,
1995) 55 £ H AL Al B4 tH FH ZKVAUE 77 B (VPD) B A
X FEE T DU B s R AL 3 PR XA B PR W

& =8+ 2 @

Cﬂ

)T, g AT (mol-m2s™), AR
A1 COMIE R (umol- m™>-s™), hi2 KSR,
Car& I F 2211 25 S COMK JEE (wmol-mol ™), goA&y i
PH, mE EARE . X —HAEI kT A
TERSSIL LSRR, PR
5y T BRFRIRR S R o AEARRT T AR, <
FLAT BEXT 26 s A FH g g J87 B D 0RO — IR IR AE
AN R L P Sk (Eamus et al., 2008). 7E XM
B, mEHEAEYFE L, BATR @ KEN
DB A AR e AT i 70 R R R T AR Ak, EIANRE
TREFLR AU, S H B m e EAE, AT A
AR AR DR A I mAE AR A R S 2
b

Ball-Berry % 84 (1) 45 s i) DA S 4 A 55 Rl 7
WA EPEAEER . WBERICOMKEINERF.
Btk TR RESHERTHRR, HE2EEL
EAE FE SN B R N SR B, PR Sy B
FAIXAMSERY B4 MBS R 1 3 1 AL F B« Collatz
(LG TIESASER S E ALY,
SEHRAL AR, DM R R Al R A S AL S .
Ball-Berry <. -3 i 152 214 [7] Farquhar %5 (1980) J': & 1E
R 255 (FVCBAEAY), W] LAA R A Al iy RUE
HAVE RIS AL S . FVCBREAL Y2 v F 31k &
Bl AR S RAEA T, IRah G A Rk T 4 Bk
AL R AR BB KIEFR 20 (Sellers et
al., 1997; Damour et al., 2010). PA] 11 AR A ) v
B, K EE KRS RGURAL . XA T 5
MR R G TR P P e

65 2 Aok Ball-Berry B A HEAT AL e Al

IR BT AER AL R 633

RiF, Wi AR 7K 351 45 (Sellers et al., 1992;
Kim & Lieth, 2003; Tuzet et al., 2003; Yu et al., 2004),
EHA T EARIRIE A . %] Ball-Berry i i
Ak 2 odE R, YU (2004) BRI A T o AR
454 T Jarvist B A Ball-Berry B B AR A, R T 8
TR S E, BT S ER R R
FOtEVER S IR R, T 7 X 20
AL R, R EEN IR SRS
FERUCN P RE . BB . SEH, 0T SEIEEE 77 S A
if.

AL GRS Ball-Berry Y ih— AR B 5
WS, BIRTTREREME RN, M R IRE A
1t Ball-Berry 5 B & AL T L RF 2 — N 4L,
K— OGRS, TR E,
AT ERERA - BUERIANRFR IS E, HEXTA
FYRh, R SERMESG I ER, JFHZRERE
5L EREEA BEHE R (Yuetal., 2004).
FEIE 25 KZI304E 1], AR RS AL I8 1 # o — 1
HHORAE A CE I m B Bl 8 i T30 8ok
FUEWEMEHE (m = 6, Wang et al., 2013b). % EF5
Wi AL FE I F At i e PEARAEAS [ PR A E S TR
KIAE ST, € CEMKImIE & — M H B AY)
SEPRI . LR EBAU MR ZE, ETHEIAES RS
B RERRUEE, #CA AT RIS AR OR R o B I XA
TS AUBURAE 73 HT A H 4805 SR B AN 5 1 1)
Ti Z S RO T T TR R AR B S 50,
AL R RN T AR 2 4 (4 (Populus spp.)
HI A7 71 (ANPP)) I BTk AL A 56—, AR T
A K (Dietze et al., 2014). HESRDietze5(2014) )
W50 H a3 17 — A Fifi AR 25 & G048 2 (Ecosystem
Demography 2)ffIRLEs 5, {5 i T-1R 2 B AL # R H
FRALIR AR AN AL R AR A, R ] AR AH
ABRF 25 R AT BB 2 R A AE HA A 35 R G BT
rh T 4 R FH X AR R RN 2% A FH R K 8 2 I
AL TR B E P DTk 2 K

R AT B0 S RO 208l i el m s >k
B 50 LS A& 1 R 5ZAE (Wang et al.,
2013b, 2015); =i g A AR TR P IV ma
Sk [A]FE IR /N AL BE RIS AR R ST B 464
T A A KA, (Krinner et al., 2005). %A - RE
SAL SRR, A S RGN ok
MR TINEZ . S RA I EXEE Bk, K
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TER AR Ak, (Damour et al., 2010). BRI FLAT N
(AL A B Sy i /KR A5 PG R T R DA R ot 1
ARG O REL e 28540 Th RN B ) HE R T4 S it
—/NMERIHESE.

2 HMSFLITHERAMSILSENIERE

R AAUT BRI SILR SRR AT it 2
FEHE— I BN, e R A6 A B ] E 1 R f /MK
ZMBER, WU, T —2 K HERE, &AM
S mE E, s P, X AR E e (A)
ME, mMEEBERE), B AILA - 1 x Enl i
/IMEE - 1/ x A (Cowan & Farquhar, 1977). :rhitE
Il 537K 23 ) FH %% (marginal water use efficiency), tH
AR AR ALK (R A2 7 5 (OAJOE, mol CO,-
mol™ H,0), S8 X —HUEAE — E I A A A 23
TR AT 0% (Hall & Schulze, 1980; Field et al.,
1982), {H &K 35 /K &8/ T B (Farquhar et
al.,, 1980). AL FLESHE) NEZ, 1 H Al NS
L ERER T &, DARE FEAS [RI A B AE P R 3R )
SAUT IR . SR1 T XA BRERAE Kt BT
FHE H %) B 2R T V25 1 0 S ALK CO, 11 Wi 17 R
(Thomas et al., 1999), X —F gL A EHR] 2
RiF .

WA AR SAL T B L A5 25 Ball-Berry 142
R AR ST LB AR (4 T R
Medlyn et al., 2011)(75#£3), W] LURFARARY i ()3 2
5T %25 @ M FLEE I K 2RI 3%
#(L = oAGE, mol CO,-mol™ H,O)(Damour et al.,
2010; Medlyn et al., 2011)k R7E—2 (5 FE4), 1H15
PSR AR T BEREY S S

g |4

é’s=go+]-6[l+ﬁ)7 (3)

Ji ) DR MIAIKIAE 7 B {E (kPa), g1 577
F2(Q) T mE AR R R S8, AEAR SO RATTIRZ N
S AL TR (stomatal slope).

Medlyn % (2011) /) #1 22 152 ! & Ball-Berry #i1
Leuningf#J -2 Ia B RUAH L, <AL B2 ISR
I, HARR g S5ilm K 0 M HACE A —
E ML R R (T FE(4)), X—SHH W EA THED
5 X, AT LA R R IRFE A 17K 3R] FH 5 (Medlyn
etal., 2011; Héroult et al., 2013).
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eI/ “4)

AR TR DRI R, FRATHE RS FICO,
KM S (umol-mol ™). T FEQR) B AL S IR
Yo it 55 11 7K 20 R FE 203 ) v o ARG, BEC O b
25 A R R

3 SASEMRMIEFKIF AR
UG]ESES

31 tEMTHhEERL AT

ARV DR R SAL T EERERAE K2 2 R AL
K, RV SIL T R ROR, BT R
(R AE i/ (Zhou et al., 2013). Medley“5(2011) Lt
BT SMAFMIF S AL BRI, RIS
LR ERIR m TEF Rl LinZs(2015) & 8L XF-F-#k
TR KUL, BEAE YT % R m, SIS
AR MR, AR THEYEN A XU X 7]
A5 9T R L SCPE AR FE AR 2338 A FH )2 7
BRLG, MR THEY T E M E RS T X W IT) ae
5% (Hacke et al., 2001). Way%5(2014) & Fil: CoHti# 5
Ca-Coy T RMAAEMIARLL, 1 Tk 7 A AR I8
EFESE, A Cofi IR I CyHh (R AE 42 (115 57K
I3 IR L Co-Cy R AR HE ) S 25 35

SIS HGAE L s AN [ R A TE R RERE R EA 5
TAAL TR, XA TR o AR A e R
WA[F](Zhou et al., 2013). AL FJE R RAE BRI
WITE FIRE RSN IR S TR BRI RIL T, /D
R FE PR RAL T FE 2 W TSk R 0%, X
— BRI > K AR = L R IR e 1 OK o R R 2R A
FITBEAMET I REBE UK 7 (A 2 B IX A A7
(Hetherington & Woodward, 2003; Somerville et al.,
2010). 1 AL EREY A IR, B 2SS
SR AEBRSUEE, RSN, K THFER
FOdE HAAFAE K LR 78 R X . [ — a4 D)6
R AFEMEY, BeGR2ZEMH ERAR.
Wang %5 (2013b) 7£ 7] J5 el o Ff i I I & 1 17 P AN [
MR AE RS H, RIS RIYIFR 0 SEL S
RIRGFAERKE(HL). Xt RTFLESRGHA
A5 FH T8 2 P AL P8 AR 23 17 A 3 A7 s 222 1Y) —
AN HE 2 5 [ (Smith & Dukes, 2013).
32 HEEH

XF T ARG, AL R
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' Species code

Bl HMedlyn LS FEHLEAR (Medlyn et al., 2011)i15
AT R A B R AL T BE R R CE BB AR IR 22, n = 3).
ACRU, ZI1tMk; ACSA?2, ¥E#k; BENI, Betula nigra; CADE,
Castanea dentata; CASP, #i4:#f; CEOC, £t} COAMS,
Corylus americana; COSA81, Cornus sanguinea; LIST2, it
EMAEFREFN; LITU, JLRIEEM; MAPO, #; PLOC,
—IRE4K; PODES3, Populus deltoides; PRSE2, H S #kk:
QUCO2, JE4L#k; RHCO, Rhus copallinum; ROPS, .
Fig. 1 Variation of stomatal slope among 17 tree species cal-
culated by Medlyn et al. (2011) (mean + SE, n = 3). ACRU,
Acer rubrum; ACSA2, Acer saccharinum; BENI, Betula nigra;
CADE, Castanea dentata; CASP, Catalpa speciosa; CEOC,
Celtis occidentalis; COAMS3, Corylus americana; COSA81,
Cornus sanguinea; LIST2, Liquidambar styraciflua; LITU,
Liriodendron tulipifera; MAPO, Maclura pomifera; PLOC,
Platanus occidentalis; PODE3, Populus deltoides; PRSEZ2,
Prunus serotina; QUCO2, Quercus coccinea; RHCO, Rhus
copallinum; ROPS, Robinia pseudoacacia.

ANTE] Ry . o AN [RIREAAFP ) 7K 53 ) FH SRS AN ], 7
FIFERNR RS T RILFERIE A EZ R, FIFER
WIEAFEKSHE T FERFB AR
(Zhou et al., 2013). Lin%5(2015)%f a1t 1 /52664
BEARLEA TG R, TEED A KIE B AR
BT, AR, SRR .
X T FERI R B IR T S s i R, A
Pt — AL SRR 5 CO M Rk BEAH ¢
(Medlyn et al., 2011), TfijiX—4/% 2> bl 5 Ty imi 3
Jn(Bernacchi et al., 2001); —J&/K 7> TRt
THE M BEA, Xk B T I8 5K 2 IS AR, A3
w7 AL R (Prentice et al., 2014). Héroult’s
(2013)4RIE 1 7= M AN [l AR ke Jg AL A TE AR [ PR 15 2%
T, RALFERERREE B A A F A E, B
SRAR AL H DX AR S AL B R 36 LA
Hh DX AR A v o TE VI B B AR K K 1 HA (Pinus
palustris) <L I P15 14 0 B o A0 7K R Hs 5 85k B4 S

WIS BT AR AL R 635

ELAE T S0 N HE nfgusé(Addingtong et al., 2006).
33 CO;REHS

BROGEER . RALSER IR A AR £ Sk
KEAFAE, (HAEH TS50 T B AN [F] L K i/ 1 A
KEE T REARESHE R, 1RDH S5 M me
3 e AL T BE RN R AT LT B 1) 225K (Zhou et
al., 2013). LAMERZHK T AL SRR BT AR
1R = B ALS, 763 RFAE T AT e R >
(Medlyn et al., 2011). XT3 = ICOHKE T < FL T
JEE TIN5 DR 1) 3 A AR A B Bt 9 4 SR AN — 3
TE R CORFEMIAKRIAEL T, YR FE
A E A #ZE (Long et al., 2004; Bernacchi et al.,
2005) . A 5 AE K 77 56 T R COL ¥k BE X R 5
(Glycine max) 45 4£ (Gossypium hirsutum) it 47 £ 77
WEFAT th, AL T BE R 2 2 K COL Mk B2 1 38 in iy %
{&(Harley et al., 1992; Bunce, 2004). {Hj&Leakeyss
(2006)7EFACE (free-air CO, enrichment)SZ36# b
KEFAT THAKA AR SHONE, A1 scies R
WP FERZFA ISP FLCOLM L I =M
O, IF HAR AT TSI SAL S R R PR ) 4
T T BB A 3 151 IR COLIK FE X S AL FE 45 R [ R I 4t
AL R . MedlynZ5:(2001) il T A4 KAE HCO,K
FER6FA RIS P RS2, KINCOMK L T JF
ARSI X — 45 RATEKatul %(2009)
[t AL P AR EIHIESE, Katul%5(2009) K ILC O,k FE T+
= IR B Ball-Berry B A DA E S AL T
FER St ok R IFI R
34 1TIETE

ERZAS RGN G, L8+ 5 a1l
5 R M) (R ASADL I8 e R K oy a5t A AR
RISFLF B2 M E O &R RSB (Sala & Ten-
hunen, 1996; Verhoef & Allen, 2000). {H A5 #7455
o AR IRy 38 506 AR ECE AR FH 230V cmax
A KL T AR (I I SC R, DK 3 8 T
JeAAE I SO T A S AL BE Y 43 (Sellers et
al., 1996; Ronda et al., 2001; Best et al., 2011), EIRTE
BETESENT, R Ui aT DUt 7K 5 1B
T ROBE R /K I8 =PRI 2 e, (ELAE ™ T R AR L
N TCVE R HERA LA A 1 AN ZE 5 1E FH (Verhoef
& Allen, 2000; Reichstein et al., 2002; Keenan et al.,
2009). Egea(2011)52i%, 7ETF4%AF Fay Lt s
PR PR3 B, 3 R ) AL 3 BE A S E 24
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(177 R F e AR A S AL 5 B R i 1
Zhou% (2013) fRHIF 71 45 A 3 AL, SR L T 1Y
AL, DR 2 R R AL AR AL &R
(U emax) I EREFEM o B TXF T TR AL T BT
A HERTE, B BB — A e T = D &
Vi FA AN Z& 1 F 6 5 i ¥ (Dietze, 2014). 5 PART
MAFL B FR) B AR ALCE AL R IR A B2 H
W BEXD G AR AL S R A E, <AL
FEENLER Y AL T B R R AT R AR
PR E T B AL (R B R 2R) A RS AL
2R, A48 O & R AN 5K 23 R R I 25
BRM, R ERARAL T B AR A R G- KRS
FR I MRS T — MR HER G HESE . Manzonids
(2012) 35 1 50ME IR S K 20 P 2%, RINAE
BWER J ARG ZRWEDLT, H I 77K 53 R FH L
RIAERMT R RO T e, ™ B+
N M RAN BB R Ko B O, MG K o
I R 22 BB K 43 Tl ) G I 2 ey, AN 8] 1)
DRI B S FAT T, B SANA .
ik, K BUDE, YRR F R
W, BRI AL R R M 2 PR AR (Lin et al,
2015). FEMIEAK >R A5 AL T BRI R
Z AR ZAEATHe R T, FE 2238 X T K 4y
I FH B BIF 5 32 A b AR B 7K O3 ) R () L
s 2006; MEFESE, 2006; 42 E M TFAL S, 2015).
AL R R A (R g R4, 2008). LT
JEERE 7K J EA L 1) o 2 (£ TR A, 2012; 5 E AR
2012). Fit B 4 B 2 AR (AR S, 2004; 5T
PHAE, 2009). BV E B2 (&4, 2006). +3EK
53 € AL R CHHEMEEE, 2008), LA KR BB AR DG
B RG K FIHRE (Zhou et al., 2013)55 77 1M
45T B e s e A [F] D e BN ) <AL FERY
FMm AR PR, AR TP,
35 HHEFR

PLERF I S~ Fr 7Kk #(Oren et al., 1999). I+
Fiok MREBFIEERRAA YK J14% F(Salleo et al., 2000;
Addington et al., 2004; Bunce, 2006; Domec et al.,
2009). M- F AHXT K B (Ewers et al., 2005)%5 25200
AL X R AR 75 SR R WE S o 17 T4 e A
W o m K )AL SRS, 22 R
S AL S RL# (Schafer et al., 2000; Franks, 2004;
Ewers et al., 2005; Buckley & Roberts, 2006; Ambrose
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et al., 2010; Woodruff et al., 2010). A#F 2 EFSFL S
JEE R 2 [A] WAFAE A i 2 1) BURH 55 5K 2R (Héroult et
al., 2013; Lin et al., 2015). HHA)E &I, QiR AtLE.
WREREELL S K it a5 @ e 25 i <AL R
Z(Litvak et al., 2012; McCulloh & Woodruff, 2012).
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